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Abstract
The handicap principle suggests that individuals of superior quality can more easily bear the cost of developing extravagant
ornaments. Consequently, ornament size should provide reliable information about quality or condition. Previous models
have largely ignored the process of ornament growth, focusing only on final ornament size. We model ornament growth
schedules for individuals of different qualities, where higher quality individuals experience lower costs of carrying energy
reserves of a given size, but where all individuals pay a net cost of carrying ornaments of a given size. If the costs of
ornament production ensure that final ornament size reliably signals quality, the information conveyed by the signal can
change dramatically during growth. Higher quality individuals should delay growth until closer to breeding. Taking a
snapshot of partially developed ornaments prior to breeding would show them to be larger in poorer quality individuals.
The claim that costly ornaments honestly signal quality thus needs to be understood in a dynamic context, and may only
hold during some phases of growth.
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Introduction
Many sexually selected traits and ornaments such as horns and
tails require an extended period of growth before they reach a
mature state [1–4]. Much research [5–7] has examined how
carrying large ornaments could handicap [8] an individual (where
only good quality individuals should be able to cope with large
costs resulting from the ornament), but little research has
examined how the costs of producing and bearing an ornament
shape its growth trajectory. Sexually selected traits are frequently
characterized by extreme variation seen within populations [5],
and we would therefore expect similar variation in growth
trajectories. Only a few models, however, have focused on the
process of ornament development: Aparicio [9] uses a cost-benefit
approach to examine how fluctuating asymmetry can develop,
whilst Badyaev [10] considers the evolution of cost-reducing
developmental mechanisms. However, neither of these consider
how a trait should develop within individuals. Bonduriansky &
Day [11] and Lindstro ¨m et al. [12] explore the trade-off between
body growth and ornament growth using deterministic dynamic
models, and Kokko looks at the development of ornaments at
consecutive mating seasons [13]. Lastly, Lindstro ¨m et al. [14], to
whom we return, employ stochastic dynamic programming to
model sexual signal dynamics in the face of random variation in
resource availability.
In this paper, we develop a stochastic dynamic program (SDP)
that examines how ornaments can develop in an adult animal
that breeds at a set point of its lifecycle, assuming that it is
investing its resources in either metabolic processes or the growth
of the ornament–consequently, we do not focus directly on
allometric relationships [15,16], but rather the investment
strategy of an animal challenged by environmental variation
(although the latter may give rise to allometric patterns of growth
– see [17]). Stochastic dynamic programming [18–20] is the
perfect technique to examine how a trait should develop when we
are able to quantify the fitness of an individual possessing an
ornament of a specific size at a defined moment in time, and here
we use a variation on a standard forage-rest model [19]. We
consider an animal that can choose between two activities (low-
cost resting and high-cost foraging), which allows us to
incorporate an ornament-dependent cost that impacts on the
amount of resources that the animal can collect to fuel further
ornament growth.
Our approach is most similar to that of Lindstro ¨m et al. [14],
who also use dynamic programming to model allocation of
resources to ornamentation in the face of stochastic variation in
resource availability. However, they consider expenditure during
the breeding season on a flexible signalling trait that may fluctuate
in its level of expression. By contrast, we focus on cumulative
expenditure prior to the breeding season on the growth of an
ornament such as a horn or tail, which (once growth is completed)
will not subsequently fluctuate in size. We show that differences in
individual ‘quality’ (taken here to be correlated with an
individual’s energetic expenditure) can lead to very different
growth schedules within the population, with implications for the
dynamics of honesty.
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Overview of Model
In this model, we consider the growth of an ornament over one
hundred consecutive periods prior to the point at which mate
choice occurs. At the beginning of each of these periods, the
animal is assumed to make a decision about whether it forages or
rests during the period. If it rests, it loses energy. If it forages, it
uses energy but also has a chance of finding food, such that its
energy will, on average, increase if it forages. (This is similar to
standard assumptions of forage-rest dynamic programs [18,21–
25], although we do not consider predation risk in this example).
The amount of energy it can gain from the environment is
assumed to be dependent upon the size of the ornament it carries:
ornament size is negatively related to mean gain from the
environment. As well as deciding whether to forage or rest, at the
beginning of each period the animal also decides whether to
allocate a quantity of its energy reserves to growing its ornament.
We assume that the animal’s fitness (assumed here to be some
measure of reproductive success) is positively related to the size of
the ornament (regardless of the final energy reserves of the
individual) at the end of the final period considered in the model,
which means that we can assign a fitness value to all possible
combinations of the animal’s state (defined here as the combina-
tion of its energy reserves and ornament size) at this final moment.
By making this assumption, we can then use stochastic dynamic
programming [18–20] to assign fitness values to all possible
combinations of ornament size and energetic reserves at the
penultimate moment before mating. This is done by considering
all possible behavioural decisions (choosing to forage or rest, and
how much energy to allocate to ornament growth) for each
possible state the animal could be in. The mean fitness for each
decision can be calculated by considering what states the animal
could achieve in the final period if it makes a particular decision in
the penultimate period, where each of these final states has a
defined fitness value. Therefore, for each possible state in the
penultimate period, it is possible to identify the optimal behaviour,
which yields the highest mean fitness for the individual (which is
consequently the fitness recorded for that state during the
penultimate period). Having calculated the optimal behaviours
and their associated fitnesses for all possible states in the
penultimate period, the process can be repeated for the period
immediately before the penultimate one, and consequently
repeated again and again, moving one decision period back in
time at each step. In this way, the optimal behavioural policy can
be determined for the individual, which defines its optimal
behaviour at any moment in time if its current energy reserves and
ornament size are known. The techniques described above are
standard for stochastic dynamic programming models. For further
explanations of some of the standard assumptions and techniques
used, see [18–20,23,26].
Details of Dynamic Program
We examined the growth of ornaments over a period of T=100
consecutive periods. During each period (denoted by t), the state of
an individual has two components: x, its energetic reserves, and s,
the size of its ornament. At the beginning of each period, the
animal makes two decisions about its actions between t and t+1: u,
its behaviour during the period (to either forage or rest), and i, the
investment in ornament-building done during the following period
(for simplicity, we assume the animal can decide to increase its
ornament by 0 or 1 units). To introduce some stochasticity to
avoid grid effect artefacts [18], after choosing to invest in the
ornament, the investment is successfully increased with likelihood d
(the alternative being that investment is unsuccessful, with no
increase in the ornament occurring despite incurring expenditure).
Considering a simple discrete choice of investing 0 or 1 units into
an ornament may well introduce some constraints upon the form
of growth of the ornament within the model, but should give us a
rough understanding of investment decisions over time. Further
exploration could involve identifying the optimal probability of
investment during a period (instead of a simple choice to invest or
not), but is unlikely to make a difference to the qualitative results
presented here.
The energetic costs incurred by the animal are dependent upon
its behaviour (characterized by a base level of expenditure Ku),
where foraging is assumed to be more expensive than resting.
Investment i in an ornament also incurs energetic expenditure.
Finally, energy use can also depend upon the size of the energy
reserves and ornament, for instance through mass-dependence
[27]: we modelled these expenditures using scalars (kx and ks) and
power constants (p and q) to describe potentially non-linear
increases in expenditure with reserves (kx and p) and ornament size
(ks and q). Because the mean expenditure (calculated as Km=Ku + i
+ kx x
p + ks s
q) from these variables could take a non-integer value
(energetic reserves themselves are in integer units), we calculated
k(c; x, s, u, i), the probability of expending c units of energy (where
c=0, 1, 2, 3, or 4 energy units) when in state (x, s) and conducting
actions (u, i), as a discretized normal distribution with a mean value
of Km and standard deviation of vc.
If the animal chooses to forage and is unhampered by any kind
of ornament (s=0), the base level of energy found in the
environment is bg. However, carrying an ornament could lead to
a reduction in foraging efficiency dependent upon ornament size
(modelled using a scalar rs), and mean energetic gain is therefore
calculated as Gm=bg2rs s. Again, because mean intake can take a
non-integer value, and also because finding the food may depend
upon the environment, we calculated the probability of gaining
g=0, 1, 2, 3, or 4 energy units, c(g; s), based upon a discretized
normal distribution with mean Gm and standard deviation vg.
The fitness of the animal is determined by the reproductive
success it achieves when it reaches the end of the period modelled
(assuming it survives to this period): at T, we assume that
reproductive success depends upon the size of its ornament, and is
defined by the reward function
Rx ,s ðÞ ~
s2 
smax ifxw0,
0 otherwise:
(
This is taken to be an accelerating function of ornament size.
Because the results of this model are potentially highly dependent
upon this reward function, we also investigated linear and
decelerating increases in fitness, and obtained results that were
qualitatively similar to those given below. Further consideration of
the form of the reward function may be useful for exploring how
variation in mating success correlates with individual condition
and quality [28], but the broad approach we use here gives a
broad qualitative indication of how ornaments may develop within
a population.
The function V(x, s, t) is the fitness at time t for an animal in state
(x, s). The dynamic programming equations were set so that at
t=T, V(x, s, T)= R(x, s), whereas when t,T,
Vx ,s,t ðÞ ~max
u,i
Hx ,s,t;u,i ðÞ ½  ,
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Hx ,s,t;rest,i ðÞ ~
Xcmax
c~0 k cx,s,rest,i ðÞ dV X’x,0,c ðÞ ,S’ s,i ðÞ ,tz1 ðÞ z ð
1{d ðÞ VX ’ x,0,c ðÞ ,s,tz1 ðÞ Þ , and
Hx ,s,t; forage,i ðÞ
~
Xcmax
c~0
Xgmax
g~0 k c; x,s,forage,i ðÞ c g,s ðÞ dV X 0 x,g,c ðÞ ,S0 s,i ðÞ ,tz1 ðÞ ðÞ
z 1{d ðÞ VX 0 x,g,c ðÞ ,s,tz1 ðÞ
using chop functions X9(x, g, c) = min(max(x+g2c, 0), xmax) and
S9(s, i) = min(s+i, smax): these chop functions limit state variable
changes to within maximum and minimum values [20]. V(x, s, t)i s
calculated by backwards induction, as standard in SDP models
[19,20]. The values of u and i that maximize each V(x, s, t) are
recorded. These are then used in forward simulations, which
assume that at t=0, ornament size s=0, and reserves x are low:
writing in(x, s) for the proportion of the population in state (x, s)a t
t=0, we assumed that in(1, 0) = in(5, 0) =0.1, in(2, 0) = in(4, 0)
=0.2, in(3, 0) =0.4, and in(x, s) =0 for all other state pairs.
The model was coded in C++, using long double floating point
precision to minimize computational artefacts [29].
Sensitivity Analyses
We conducted sensitivity analyses to investigate the relative
effect of each of the variables used in the model. Using a
framework with smax =50, and xmax =100, we used a Mersenne
twister algorithm to randomly generate 50 independent parameter
sets, where the values of the parameters were taken from uniform
distributions with the following ranges: bg M [0.5, 2.5], d M (0, 0.5],
Kf M [0.5, 2.0], ks M [0.0001, 0.5], kx M [0.0001, 0.5], p M [1.0, 2.0], q
M [1.0, 2.0], rs M [0.0001, 0.1], nc M [0.5, 1.0], ng M [0.5, 1.0]. The
randomly generated value of Kr was dependent upon the value of
Kf generated, and came from the range [0.1, 0.56Kf]. For each of
the 50 parameter sets, we calculated policies and the resulting
population distributions when each of the parameters was changed
systematically (holding all the other parameters at the initial
randomly generated value): for a given focal parameter p we
calculated these for 0.16p, 0.26p,…,2 . 0 6p.
To assess how changing the size of each parameter affected the
final ornament size, for each of the fifty parameter sets we
calculated the mean ornament size within a population in
response to the size of the focal parameter, and then used R 2.2.0
[30] to fit a least-squares regression line (considering final
ornament size in response to a standardised size of the focal
parameter, such that the standardised parameter was a value
from the series 0.1, 0.2, …, 2.0). The predicted slope of the line
was recorded, ultimately giving us 50 regression coefficients for
each of the variables considered, which were then summarised to
give a median value and associated ranges. It should be noted
here that although final ornament size was very unlikely to follow
a straight line, we felt that fitting a straight line was sufficient for
exploring how changes in the value of a parameter could affect
the final size of the ornament, as most cases (as described below)
showed a gradual increase or decrease in ornament size, and we
required a simple statistic to compare the spread of data between
the variables.
For each of the 50 replicates, we also identified the period at
which at least 50% of the population had started growing an
ornament (so that s $1). We quantified how this changed using the
regression coefficient technique described above.
Results
The physiological parameters included in the model had
broadly similar effects, only differing qualitatively in their
‘direction’. Figure 1 illustrates the typical sequence of changes in
response to systematically changing a parameter, while table 1
outlines the direction of changes (up or down the sequence of
graphs in the figure) induced by increasing each different
parameter. For illustrative purposes (figure 1), we have shown
how optimal ornament growth changes as the energetic expendi-
ture of carrying energy reserves is increased (holding the other
physiological costs constant), but the other parameters listed in
Table 1 all induce similar effects as they are increased or
decreased.
In this illustrative example, where the relative cost of carrying
energy reserves is small, signal growth is initiated late in the
developmental period, and the signal is grown at a maximum rate
up to the end of the developmental period, giving near-linear
growth (seen in figure 1 where p=1.5). To begin with, as the cost
of carrying reserves increases, the time at which the signal is
initiated moves later in the growth period (p=2.5), though
initiated growth is still linear. Initiation occurs later because the
optimal size of the final signal is reduced, but the animal is still able
to reach this size if it leaves investing until as late as possible, and
then grows the signal at a maximum rate.
Figure 1. Changes in ornament growth and reserve size with
increasing costs of carrying large reserves. In successive panels,
the relative energetic cost of carrying large energy reserves is increased
by increasing the power term p. bg=2.0, d=0.8, Kf=1.0, Kr=0.5,
ks=0.0001, kx=0.0001, q=2.0, rs=0.1, smax=50, T=100, nc=0.5,
ng=0.5, xmax=100.
doi:10.1371/journal.pone.0027174.g001
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however, there comes a point at which the cost of producing and
supporting the maximum ornament is too much, and so the final
size of ornament produced is not the largest possible. From this
point, the models frequently show that the animal doesn’t invest in
growth in a linear manner. Instead, early investment is put into
producing an initially small ornament, and then further investment
is put into the ornament just before the final period (p=3.5). This
initial investment in a small ornament is likely to occur as a buffer
against a variable environment, where the investment and less-
costly carrying of a small initial ornament ensures that the animal
can then build the costlier part of the ornament prior to its need,
and gain the highest reward possible. However, as the cost of
carrying energy reserves increases further, the price of building
and maintaining even a mediocre ornament is such that any
investment starts later and later in the growth period (p=4.5).
Figure 1 also demonstrates that the animal will tend to show a
peak in its energy reserves in the middle of the developmental
period, and these are then reduced as it begins to invest heavily in
the ornament. If costs are high, the maximum level of reserves that
the animal can maintain and carry is reduced, which in turn
affects the amount that it is able to invest in its ornament.
Figure 2 shows that the basal rate of energy gain bg has a large
effect upon both the final size of the ornament (Figure 2a), and
when ornament growth is initiated (Figure 2b). This is to be
expected as the animal is trading off ornament growth with the risk
of starvation, and so a reduction in the baseline amount of food in
the environment should have a large effect upon ornament
scheduling. The final ornament size (Figure 2a) is also greatly
affected by the cost of resting Kr, where if resting gives relatively
little reduction in energy expenditure compared to foraging,
carrying an ornament becomes relatively more costly and so
growth is delayed. The other parameters had varying degrees of
effect upon final ornament size with respect to how the variable of
interest was altered, but show little variation with different
parameter sets, suggesting that differing costs of carrying an
ornament or energy reserves have little overall effect upon growth
scheduling. The period at which ornament growth is initiated also
remains relatively unaffected by parameter sets with two
exceptions: the basal rate of energy gain (as described above),
and the reserve cost power term p. We took an initial random
value of p between 1 and 2, and then calculated a range of60.1 to
62 around this, meaning that p could potentially range between
0.1 and 4, and so we were considering a cost of energy reserves
that could deceleratingly or acceleratingly increase with reserve
size. This means that if the cost of carrying reserves increases in a
potentially non-linear manner, this can have a large effect upon
the growth schedule seen, and the shape of this function should
therefore be considered carefully if it is being used in a predictive
model. These sensitivity analyses show that these patterns are
extremely robust to changes in the various parameters built into
the model (table 1), as well as changes in the number of periods,
states, and probabilities considered. The trends apparent in table 1
are as would be expected, where increasing variables that could
lead to energetic costs increasing (such as through increasing the
Table 1. Changes in ornament growth pattern obtained by
increasing the parameter values.
parameter description
change with
increase in
parameter
bg basal energetic gain q
d probability of a correct investment in ornament q
Kf basal energetic cost of foraging Q
Kr basal energetic cost of resting Q
ks ornament cost scalar Q
kx reserve cost scalar Q
p reserve cost power term Q
q ornament cost power term Q
rs scalar for energy intake reduction due to ornament Q
vc cost standard deviation Q
vg gain standard deviation q
The arrows refer to the direction of change sketched in figure 1, where ‘Q’
indicates an increase in the parameter gave a change similar to moving from
top-to-bottom in figure 1, and ‘q’ indicates a reversed (bottom-to-top) change.
doi:10.1371/journal.pone.0027174.t001
Figure 2. Results of sensitivity analyses. Boxplots describing the
median size (with corresponding interquartile and 95% ranges) of the
regression coefficients for a) final ornament size and b) period at which
at least half of the population have initiated ornament growth,
obtained for the eleven variables described in the model (for full
meanings of the parameters, see Table 1), resulting from the
exploration of parameter space described in the sensitivity analyses.
A large positive median value of the coefficient shows that final
ornament size/start period increased greatly as the size of the variable
being investigated was increased (and a large negative value showed
that final ornament size/start period decreased as the variable was
increased). A large amount of variation around the median suggests
that the amount that the ornament or period can vary is sensitive to the
parameterisation of the system.
doi:10.1371/journal.pone.0027174.g002
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ornament early to late investment.
Discussion
Careful attention needs to be paid to how the growth sexual
ornaments are scheduled by individuals. The model developed
here suggests that the pattern of ornament development can be
highly variable. The fact that investment and maintenance should
be reduced as an ornament becomes more energetically costly isn’t
surprising, but the fact that an individual may carry a partly-
developed ornament for a long period of time before allowing it
develop fully is important. For example, if an animal develops a
costly ornament well in advance of the breeding season, it could be
argued that carrying this costly ornament for a long time is a
manifestation of the handicap principle [8], as carrying a costly
ornament for a long time would arguably only be possible in a
good quality individual. This would in turn assume that mates
were able to assess the quality of individuals based upon their
monitoring the appearance and growth of ornaments early in the
season, prior to the mating period. Our model doesn’t make this
assumption however: we assume that no mate assessment occurs
before the period of mating (which could be the case for a lekking
species where individuals are solitary prior to the breeding season),
and therefore the early development of ornaments simply ensures
that the individual can possess the best possible ornament when it
begins to breed.
This framework can also be used to consider what should be
happening within populations of individuals that differ in their
ability to respond to environmental stochasticity. This difference in
what we could describe as quality may lead to a difference in
investment between individuals, as their optimal policies will be
based upon different parameter sets (where we can use our
findings from the sensitivity analyses to identify where variation
will be important). At any point in time, there will be a large
amount of variation in ornament size within the population
(Figure 3). However, as we have shown above, it may not be the
case that the individuals with large ornaments earlier on in the
developmental period are the higher quality individuals. Figure 4
illustrates this by considering how the distribution of ornaments
over time shown in Figure 3 relates to the qualities of the
individuals within the population. In Figure 4, there is a negative
relationship between quality and ornament size for the first two
thirds of the developmental period, and it is only after this point
where high quality individuals will tend to have larger ornaments.
Therefore, if we are assessing the quality of individuals prior to
breeding, we must be careful to ensure that, as well as the
inferences we make about quality from measurements, we also
take into account the fact that poor quality individuals could have
larger ornaments than high quality individuals for a large
proportion of their developmental schedule. It should also be
acknowledged that for some, flexible, types of display, the signals
produced by individuals may change dynamically over the course
of the breeding season, and individuals starting with high quality
signals may show a reduction in the quality of their signals over
time [14].
It is difficult to assess how important this effect is, for little data
exists that examines how ornaments develop in an individual
through the course of a breeding season or lifecycle: although
measurements of the growth of ornaments can be done routinely,
(e.g. [31–35]), measurements so far taken to compare the size of
ornaments between individuals have only been made at a single
point of the season (e.g. [36–38]). There is therefore much to be
gained by examining the ornament growth schedule of known
individuals within populations, relative to their seasonal mating
success, where modelling work using the framework described
above would give new insights into individual variation in signal
production. Furthermore, the modelling framework could be
extended to consider life histories [39] where traits develop
multiple times, or where potential mates can track and assess the
Figure 3. Ornament development over time in a population of
individuals with differing ‘qualities’. Although ornaments increase
in size, there is considerable variation within the population. Here, the
population consists of individuals of 21 quality types, defined by the
individual’s energetic expenditures when carrying a given amount of
energetic reserves. The policies are derived for individuals with p=2.0,
2.1, ..., 4.0 (smax=20, other parameters as figure 1). The initial proportion
of each type follows a binomial distribution, where the likelihood of an
individual following a policy with reserve cost power p is 20C((p–2)/10)?
(0.5)
20.
doi:10.1371/journal.pone.0027174.g003
Figure 4. The relationship between quality and ornament size
changes over time. Early in ornament development, individuals with
large ornaments tend to be poor quality (shown by a negative value of
‘ornament/quality slope’), but later on, quality is positively related to
ornament size. In this example, we define the quality of an individual as
Q=210 p. Using the quality proportions calculated for figure 2, we
regressed (using least-squares regression) the mean value of Q for a
given ornament size in a period against size. The ‘ornament/quality
slope’ is the slope (6 s.d.) of the calculated best-fit line.
doi:10.1371/journal.pone.0027174.g004
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than at a set moment in time.
We also need to assess how ornament growth relates to sexual
selection processes where mate choice and competition between
individuals is also important. The model presented here does not
make any inferences about how selection could shape the reward
offered to individuals with differing ornaments, and would need to
be extended in order to consider how ornament development is
tied in with how sexual selection shapes mate preferences within
populations. At the moment, the fitness return to an individual
that has an ornament of a given size in the period when mate
choice occurs is represented by a fixed function, but it is highly
likely that the fitness return of a given ornament needs to reflect
what else is available in the population. This means that ideally we
should take the social context of the signal into account (which
could be done here by extending the dynamic program presented
here into a dynamic game between population members, e.g.
[21,22,40]), where the state-dependent rewards associated with
mating will depend upon the frequency of differently sized
ornaments in the population. It is consequently difficult to predict
the exact effects that a changing population distribution of
ornaments would have on the growth schedules of individuals of
different qualities. Furthermore, we do not consider whether the
animal is constrained in its ability to judge or perform the optimal
behaviour [41], or whether it instead has to use a rule-of-thumb
that approximates this optimal policy [42–44]. Taking these
considerations into account, we strongly suggest that the
framework we describe here should be extended to consider a
dynamic game between individuals [14,18,21,22,40], and we are
confident that this technique could open many new avenues of
research into an unconsidered side of sexual selection.
Acknowledgments
Stephen Proulx and several anonymous referees are thanked for their
comments on earlier versions of this paper.
Author Contributions
Conceived and designed the experiments: SAR MRE RAJ. Performed the
experiments: SAR. Analyzed the data: SAR. Wrote the paper: SAR RAJ.
References
1. Crigel M-H, Balligand M, Heinen E (2001) Les bois de cerf: revue de litte ´rature
scientifique. Ann Me ´d Ve ´t 145: 25–38.
2. Bender LC, Carlson E, Schmitt SM, Haufler JB (2005) Body mass and antler
development patterns of Rocky Mountain elk (Cervus elaphus nelsoni) in Michigan.
Am Midl Nat 150: 169–180.
3. Spinage CA (1986) The natural history of antelopes. Beckenham: Croom-Helm.
203 p.
4. Curio E (2004) On ornamental maturation of two Philippine hornbill species
with a note on physiological colour change. J Ornithol 145: 227–237. d.o.i:
10.1007/s10336-004-0033-x.
5. Andersson M (1994) Sexual selection. Princeton: Princeton University Press.
624 p.
6. Grose J (2011) Modelling and the fall and rise of the handicap principle. Biol
Philos 26: 677–696. d.o.i: 10.1007/s10539-011-9275-1.
7. Johnstone RA (1995) Sexual selection, honest advertisement and the handicap
principle: reviewing the evidence. Biol Rev 70: 1–65.
8. Zahavi A (1975) Mate selection – a selection for a handicap. J Theor Biol 53:
205–214. d.o.i: 10.1016/0022-5193(75)90111-3.
9. Aparicio JM (2001) Patterns of growth and fluctuating asymmetry: the effects of
asymmetrical investment in traits with determinate growth. 49: 273–282. d.o.i:
10.1007/s002650000302.
10. Badyaev AV (2004) Developmental perspective on the evolution of sexual
ornaments. Evol Ecol Res 6: 975–991.
11. Bonduriansky R, Rowe L (2005) Sexual selection, genetic architecture, and the
condition dependence of body shape in the sexually dimorphic fly Prochyliza
xanthostoma (Piophilidae). Evolution 59: 138–151. d.o.i: 10.1111/j.0014-
3820.2005.tb00901.x.
12. Lindstro ¨m J, Metcalfe NB, Royle NJ (2005) How are animals with ornaments
predicted to compensate for a bad start in life? A dynamic optimization model
approach. Funct Ecol 19: 421–428: i: d.o.i: 10.1111/j.1365-2435.2005.00974.x.
13. Kokko H (1997) Evolutionary stable strategies of age-dependent sexual
advertisement. Behav Ecol Sociobiol 41: 99–107. d.o.i: 10.1007/
s002650050369.
14. Lindstro ¨m J, Pike TW, Blount JD, Metcalfe NB (2009) Optimization of resource
allocation can explain the temporal dynamics and honesty of sexual signals. Am
Nat 174: 515–525. d.o.i: 10.1086/606008.
15. Tomkins JL, Kotiaho JS, LeBas NR (2005) Matters of scale: positive allometry
and the evolution of male dimorphisms. Am Nat 165: 389–402. d.o.i: 10.1086/
427732.
16. Kodric-Brown A, Sibly RM, Brown JH (2006) The allometry of ornaments and
weapons. Proc Natl Acad Sci USA 103: 8733–8738. d.o.i: 10.1073/
pnas.0602994103.
17. Kozłowski J, Weiner J (1997) Interspecific allometries are by-products of body
size optimization. Am Nat 149: 352–380. d.o.i: 10.1086/285994.
18. Houston AI, McNamara JM (1999) Models of adaptive behaviour: an approach
based on state. Cambridge: Cambridge University Press. 378 p.
19. Houston AI, Clark CW, McNamara JM, Mangel M (1988) Dynamic models in
behavioural and evolutionary ecology. Nature 332: 29–34. d.o.i: 10.1038/
332029a0.
20. Clark CW, Mangel M (2000) Dynamic state variable models in ecology: methods
and applications. New York: Oxford University Press. 289 p.
21. Rands SA, Cowlishaw G, Pettifor RA, Rowcliffe JM, Johnstone RA (2003) The
spontaneous emergence of leaders and followers in a foraging pair. Nature 423:
432–434. d.o.i: 10.1038/nature01630.
22. Rands SA, Cowlishaw G, Pettifor RA, Rowcliffe JM, Johnstone RA (2008) The
emergence of leaders and followers in foraging pairs when the qualities of
individuals differ. BMC Evol Biol 8: 51. d.o.i: 10.1186/1471-2148-8-51.
23. Houston AI, McNamara JM (1988) A framework for the functional analysis of
behaviour. Behav Brain Sci 11: 117–163.
24. McNamara JM, Houston AI (1990) The value of fat reserves and the tradeoff
between starvation and predation. Acta Biotheor 38: 37–61. d.o.i: 10.1007/
BF00047272.
25. Houston AI, McNamara JM (1993) A theoretical investigation of the fat reserves
and mortality levels of small birds in winter. Ornis Scandinavica 24: 205–219.
26. Mangel M, Clark CW (1988) Dynamic modeling in behavioral ecology.
Princeton: Princeton University Press. 320 p.
27. Witter MS, Cuthill IC (1993) The ecological costs of avian fat storage. Phil Trans
R Soc B 340: 73–92: i: d.o.i: 10.1098/rstb.1993.0050.
28. Johnstone RA, Rands SA, Evans MR (2009) Sexual selection and condition-
dependence. J Evol Biol 22: 2387–2394. d.o.i: 10.1111/j.1420-9101.
2009.01822.x.
29. Houston AI, Welton NJ, McNamara JM (1997) Acquisition and maintenance
costs in the long-term regulation of avian fat reserves. Oikos 78: 331–340.
30. R Development Core Team (2005) R: a language and environment for statistical
computing. Vienna: R Foundation for Statistical Computing.
31. Barnard P (1995) Timing of ornament growth, phenotypic variation, and size
dimorphism in two promiscuous African whydahs (Ploceidae: Vidua). Biol J Linn
Soc 55: 129–141. d.o.i: 10.1111/j.1095-8312.1995.tb01055.x.
32. Veit AC, Jones IL (2004) Timing and patterns of growth of red-tailed tropicbird
Phaethon rubricauda tail streamer ornaments. Ibis 146: 355–359. d.o.i: 10.1111/
j.1474-919X.2004.00265.x.
33. Bartos ˇ L, Schams D, Bubenik GA (2009) Testosterone, but not IGF-1, LH,
prolactin or cortisol, may serve as antler-stimulating hormone in red deer stags
(Cervus elaphus). Bone 44: 691–698. d.o.i: 10.1016/j.bone.2008.12.004.
34. Gaspar-Lo ´pez E, Landete-Castillejos T, Gallego L, Garcı ´a AJ (2008) Antler
growth rate in yearling Iberian red deer (Cervus elaphus hispanicus). Eur J Wildl Res
54: 753–755. d.o.i: 10.1007/s10344-008-0185-8.
35. Gaspar-Lo ´pez E, Garcı ´a AJ, Landete-Castillejos T, Carrio ´n D, Estevez JA, et al.
(2008) Growth of the first antler in Iberian red deer (Cervus elaphus hispanicus). Eur
J Wildl Res 54: 1–5. d.o.i: 10.1007/s10344-007-0096-0.
36. Bergeron P, Festa-Bianchet M, von Hardenberg A, Bassano B (2008)
Heterogeneity in male horn growth and longevity in a highly sexually dimorphic
ungulate. Oikos 117: 77–82. d.o.i: 10.1111/j.2007.0030-1299.16158.x.
37. Bonenfant C, Pelletier F, Garel M, Bergeron P (2009) Age-dependent
relationship between horn growth and survival in wild sheep. J Anim Ecol 78:
161–171. d.o.i: 10.1111/j.1365-2656.2008.01477.x.
38. Vanpe ´ C, Gaillard J-M, Kjellander P, Mysterud A, Magnien P, et al. (2007)
Antler size provides an honest signal of male phenotypic quality in roe deer. Am
Nat 169: 481–493. d.o.i: 10.1086/512046.
39. McNamara JM, Houston AI (2008) Optimal annual routines: behaviour in the
context of physiology and ecology. Phil Trans R Soc B 363: 301–319. d.o.i:
10.1098/rstb.2007.2141.
40. Rands SA () The effects of dominance on leadership and energetic gain: a
dynamic game between pairs of social foragers. PLoS Comput Biol, (in
press)d.o.i: 10.1371/journal.pcbi.1002252.
41. McNamara JM, Houston AI (2009) Integrating function and mechanism.
Trends Ecol Evol 24: 670–675. d.o.i: 10.1016/j.tree.2009.05.011.
The Dynamics of Honesty
PLoS ONE | www.plosone.org 6 November 2011 | Volume 6 | Issue 11 | e2717442. Rands SA (2010) Group movement ‘initiation’ and state-dependent modelling.
Behav Process 84: 668–670. d.o.i: 10.1016/j.beproc.2010.03.001.
43. Rands SA (2011) Approximating optimal behavioural strategies down to rules-
of-thumb: energy reserve changes in pairs of social foragers. PLoS One 6:
e22104. d.o.i: 10.1371/journal.pone.0022104.
44. Hutchinson JMC, Gigerenzer G (2005) Simple heuristics and rules of thumb:
where psychologists and behavioural biologists might meet. Behav Process 69:
97–124. d.o.i: 10.1016/j.beproc.2005.02.019.
The Dynamics of Honesty
PLoS ONE | www.plosone.org 7 November 2011 | Volume 6 | Issue 11 | e27174